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V0  Mean velocity of the particle or molecule (μm/s)
v0  Mean velocity of the particle or molecule in two 
dimensions (μm/s)
〈r2〉  Mean square displacement of the particle or mol-
ecule position in two dimensions (μm2)
〈R2〉  Mean square displacement of the particle or mol-
ecule position in three dimensions (μm2)
〈x2〉  Mean square displacement of the particle or mol-
ecule position in one dimension (μm2)
α  Anomalous diffusion exponent (–)
Γ  Transport coefficient (μm2/sα)
λ  Particle or molecule mean free path in two dimen-
sions (μm)
Λ  Particle or molecule mean free path in three dimen-
sions (μm)
τ  Brownian step time (s)
Introduction
In the interior of biological cells molecules and organelles 
are immersed in a very crowded aqueous environment 
which results in specific molecular mobility. Molecule tra-
jectories in cells are described by competing motion mod-
els which give the time dependences of the mean square of 
particle displacement, including free diffusion, anomalous 
diffusion, confined diffusion, and flow or directed motion 
which may result from molecular motor-driven transport. 
The three diffusive models can occur with directed motion, 
yielding more complex motion modeled by linear combina-
tions of the dependences (Saxton and Jacobson 1997). The 
motion of a molecule can be classified by using a method 
based on Bayesian inference to calculate the a-posteriori 
probability of an observed trajectory on the basis of one of 
the models (Monnier et al. 2012). One of the mechanisms 
Abstract An equation of motion is derived from frac-
tal analysis of the Brownian particle trajectory in which 
the asymptotic fractal dimension of the trajectory has a 
required value. The formula makes it possible to calculate 
the time dependence of the mean square displacement for 
both short and long periods when the molecule diffuses 
anomalously. The anomalous diffusion which occurs after 
long periods is characterized by two variables, the trans-
port coefficient and the anomalous diffusion exponent. An 
explicit formula is derived for the transport coefficient, 
which is related to the diffusion constant, as dependent on 
the Brownian step time, and the anomalous diffusion expo-
nent. The model makes it possible to deduce anomalous 
diffusion properties from experimental data obtained even 
for short time periods and to estimate the transport coef-
ficient in systems for which the diffusion behavior has been 
investigated. The results were confirmed for both sub and 
super-diffusion.
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selected may be anomalous diffusion for which a single 
molecule trajectory, instead of being the random walk of 
the fractal dimension Dw = 2, is either stretched (super-dif-
fusion, Dw < 2) or contracted (sub-diffusion, Dw > 2) (Ben-
Avraham and Havlin 2000). For Dw = 1 the motion of the 
molecule is ballistic.
Several stochastic processes lead to anomalous diffu-
sion; these include the continuous-time random walk, frac-
tional Brownian motion, and Lévy flights and walks. The 
continuous-time random walk is a stochastic jump pro-
cess in which random times occur between particle jumps 
with arbitrary distributions of jump lengths (Burioni et al. 
2014). Fractional Brownian motion is a symmetric Gauss-
ian process for which the second moment scales as a power 
of time (Jeon and Metzler 2010). Lévy flight (Viswanathan 
et al. 2008) is a random walk with a step-lengths probabil-
ity distribution that is heavy-tailed, so the trajectory of the 
molecule contains occasional very long steps. In the Lévy 
walk the time to make a step is proportional to its length.
In cell membranes, anomalous diffusion is probably the 
result of both obstacles to diffusion and traps with a dis-
tribution of binding energies or escape times (Saxton and 
Jacobson 1997). Several detailed mechanisms were con-
sidered by Skaug et al. (2011) as the source of observed 
sub-diffusion: obstruction by the membrane skeleton and 
its bound proteins (Ritchie et al. 2003), inclusion or exclu-
sion from lipid domains (Dietrich et al. 2002), binding to 
immobile traps (Saxton 2007), or a combination of these 
(Nicolau et al. 2007).
Sub-diffusion can be regarded as a result of coexistence 
of normal transport, in time periods in which a particle or 
molecule locally diffuses freely, and no effective transport, 
when the object is temporarily trapped as a result of geo-
metrical complexity and interactions with the environment. 
The mean square displacement observed may, after smooth-
ing, be described by a power-law dependence of time. This 
problem has been extensively studied (Burada et al. 2009; 
Condamin et al. 2008; Goychuk et al. 2014; Santamaria 
et al. 2006). Spatial restriction retards the motion of the 
molecule so the mean square displacement is smaller than 
for an unrestricted environment. The time taken to achieve 
a given diffusion distance is longer. Anomalous diffusion 
has been widely observed in the plasma membrane of bio-
logical cells, and has been used to investigate membrane 
organization. Sub-diffusion has been proposed as an indi-
cator of macromolecular crowding in the cytoplasm (Weiss 
et al. 2004).
Super-diffusion is faster than normal diffusion. As ana-
lyzed by Stauffer et al. (2007), super-diffusion is theoreti-
cally possible in molecularly crowded environments. In 
biological systems, it can be the result of cellular trans-
port processes and is observed if the diffusion is directed 
by a motor protein (Goychuk et al. 2014). It is believed 
that Lévy flights generate super-diffusion. However other 
mechanisms, for example fractional Brownian motion, can 
also lead to it (Viswanathan et al. 2008).
A moving particle or molecule follows linear segments. 
For a very short time the particle travels along the same 
segment and its movement can be regarded as ballistic 
(Caspi et al. 2002; Kneller 2011; Wu and Libchaber 2000), 
for which the fractal dimension Dw = 1. The fractal dimen-
sion then increases to achieve the asymptotic value after a 
very long time. Suppose that the movement can be regarded 
as Brownian, along a trajectory for which the fractal dimen-
sion is two. Spatial restriction in one direction, however, 
can retard the motion of the molecule. Wieser et al. (2007) 
showed equal mobility in the longitudinal and transverse 
directions for proteins diffusing in cellular nanotubes with 
saturation of the mean square displacement with time in 
the perpendicular direction. The measured diffusion coef-
ficient in cellular nanotubules is lower than for unrestricted 
environment, and can be estimated by considering confined 
mobility phenomenon as early-stage Brownian motion 
(Gmachowski 2014).
In sub-diffusion the mechanism is different. The mean 
square displacement increases with time but not linearly, 
as observed for ordinary diffusion. This is a common prop-
erty of all anomalous diffusion phenomena. The particle 
or molecule asymptotic trajectory is characterized by two 
variables, the transport coefficient Γ and the anomalous dif-
fusion exponent α. The mean square displacement of the 
particle or molecule position in two dimensions, detected in 
experiments with long time periods, is:
It seems promising to describe the trajectory of a mole-
cule by use of a modification of the scale-dependent fractal 
dimension method introduced by Takayasu (1982), origi-
nally for describing the transition of the trajectory fractal 
dimension from unity for the small scale to two for large 
scales. In the model proposed in this paper, the asymptotic 
fractal dimension of the trajectory of a molecule character-
izing its long-term motion can be adjusted.
Model
Let us analyze the fractal dimension of the random walk 
particle trajectory. The fractal dimension for a trajectory 
in fully developed Brownian motion is 2. If we consider a 
random walk whose mean free path is not negligible, the 
trajectory can be characterized by a scale-dependent frac-
tal dimension. Observing on a scale much shorter than 
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line (Kneller 2011). Otherwise, the random walk can be 
reduced to the Brownian motion when analyzed on a suf-
ficiently large scale (Bujan-Nunˇez 1998; Matsuura et al. 
1986; Rapaport 1984, 1985; Takayasu 1990).
The scale (s)-dependent fractal dimension for a random 
walk trajectory, given in a general form for three-dimen-
sional space (Bujan-Nunˇez 1998), is:
where k is a proportionality constant, being a fitting term, 
and Λ is the particle mean free path. Accordingly, Dw (s) 
varies between 1 if s/kΛ→ 0 and 2 if s/kΛ→∞. The 
larger the scale of observation, the closer is the random 
motion to Brownian motion.
The first term on the right side of Eq. (2) is the asymp-
totic fractal dimension for the Brownian trajectory. On  the 
very small scale of observation the fractal dimension is 
unity, because the denominator of the second term is unity 
and then increases, approaching its asymptotic value when 
the denominator of the second term tends to infinity. The 
first term is thus Dw, the asymptotic value of the trajectory 
fractal dimension, and the initial value of the fraction is 
Dw − 1. This imposes the form of the generalized formula.
The formula is now generalized to describe the scale-
dependent fractal dimension with an adjusted asymptotic 
value
giving the same value, 1, characteristic of ballistic motion, 
if s/kΛ→ 0, but a required value of Dw, instead of 2, if 
s/kΛ→∞. This formula is supposed to describe the tran-
sition of the character of the particle trajectory from bal-
listic to that characteristic of anomalous diffusion. This 
approach treats the Brownian motion as a special case for 
which the trajectory fractal dimension tends to 2 for large 
scales of observation. This means that putting Dw = 2 into 
Eq. (3) produces Eq. (2). Putting Dw = 1 into Eq. (3) one 
obtains Dw (s) = 1, confirming the ballistic character of 
motion in the whole range of the observation scale.
The trajectory length depends on the scale of observa-
tion according to the fractal formula:



























L(0) is the trajectory contour length equal to the sum of 
the line segment lengths. The particle or molecule moves 
along a segment with a constant velocity V0. So the contour 
length can be calculated as the product of the time t and the 
mean velocity of the particle. Hence:
in which the mean velocity of the particle is replaced by the 
mean free path of diffusing particle divided by the charac-
teristic time, the Brownian step time:
The relationship obtained is:




 one obtains the formula valid 
for three-dimensional space:
Substituting in Eq. (10)
one obtains the formula describing the mean square dis-
placement of the particle position in two-dimensional space 
〈r2〉 as dependent on the number of steps t/τ:
For short periods this formula converges to that characteris-
tic of ballistic motion (Dw = 1):
 irrespective of the value of the fitting term k.
For long periods the formula obeys:
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To save the universality of the formula we have to put 
k = 2. Then, for Brownian motion (α = 1), we obtain a 
known formula for the mean square displacement of the 
particle or molecule position in two dimensions:
in which the diffusion coefficient is expressed as:
For long-term anomalous diffusion:
By use of Eq. (1) one can define the transport coefficient 
for anomalous diffusion:
where
With the definition of the diffusion coefficient, expressed 
by Eq. (17), one obtains:
For intermediate times:
Mean square displacements of the position of the mol-
ecule, normalized by the square of the mean free path as a 
function of normalized time, are depicted in Fig. 1 for dif-
ferent anomalous diffusion exponents. This equation, giv-
ing the interdependence of 〈r2〉/λ2 and t/τ, also makes it 
possible to draw the normalized mean square displacement 
of the molecule position in two dimensions 〈r2〉/4Γt as a 
function of normalized time. According to Eq. (19):
This is done in Fig. 2 for different sub-diffusion exponents.





































































































Taking into account the definitions of the mean velocity 
of the particle (Eq. 14) and that of the transport coefficient 
(Eq. 20), one obtains:
from which the normalized mean square displacements of 
the molecule position can be calculated:
Equation (25) gives the full description of the trajectory 
of an anomalously diffusing molecule, irrespective of the 
stage of the movement. In can be used as a determinant of 


























































Fig. 1  Mean square displacements of the position of the molecule, 
normalized by square of mean free path as dependent on normalized 
time, depicted for different anomalous diffusion exponents in accord-
ance with Eq. (22). The straight lines correspond to the asymptotic 
Brownian and ballistic movements























Fig. 2  Normalized mean square displacements of the position of 
the molecule in two dimensions, as dependent on normalized time, 
depicted for different sub-diffusion exponents according to Eqs. (22) 
and (23)
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determine the transport coefficient Γ and the anomalous 
diffusion exponent α from experimental 〈r2〉 data. This for-
mula corresponds to the expression for ordinary diffusion 
(α = 1), previously tested for small particle movement and 
confined mobility in biomembranes (Gmachowski 2014). 
For the phenomenon in two-dimensional space it becomes:
Equation (26) describes the time evolution of the mean 
square displacement of the particle or molecule position 
in two dimensions as dependent on the values of the trans-
port coefficient, the anomalous diffusion exponent, and the 
value of the mean velocity of the particle in two dimen-
sions. The presence of the velocity is justified by the ballis-
tic contribution to the motion of the particle. This quantity 
can be determined from the diffusion coefficient by using 
rearranged Eq. (17):
Equation (22), if taken for ordinary diffusion (α = 1):
can serve to determine particle mean free path λ. Let us 
write this equation for two different mean square displace-
ments of the particle position measured at two different 
times. The characteristic time for the two cases remains 
unchanged, so dividing the formulae one obtains, after 
rearrangement:
a formula serving to determine particle or molecule mean 
free path from data measured for ordinary diffusion.
Comparison with experiment
Biological systems are heterogeneous. Heterogeneity 
is connected with non-ergodicity. Ergodic behavior is 
described by a stochastic process modeling anomalous dif-
fusion under experimental investigation. So it is important 
to incorporate heterogeneity into modeling of biological 
systems (Székely and Burrage 2014). Particularly relevant 
for diffusion in heterogeneous media seems to be a model 
for heterogeneous diffusion giving an approach to non-
ergodic anomalous diffusion (Cherstvy et al. 2013).
Experimental verification of ergodicity requires obser-































































analyzed ergodicity by comparing time-averaged and 
ensemble-averaged mean square displacements for anoma-
lous diffusion measured in a lipid bilayer membrane. They 
showed that time-averaged mean square displacements for 
the longest trajectories are scattered around the ensemble 
averaged for the system investigated.
Skaug et al. (2011) used supported lipid bilayers to 
model (Chan and Boxer 2007) a real cell membrane. The 
researchers correlated anomalous diffusion with lipid 
bilayer membrane structure. The diffusion and anomalous 
diffusion were investigated for 1,2-dioleoyl-sn-glycero-
3-phosphocholine (DOPC) in a supported lipid bilayer, pre-
pared on mica, with different amounts of 1,2-distearoly-sn-
glycero-3-phosphocholine (DSPC). Different values of the 
concentration of obstacles to diffusion were obtained which 
resulted in different values of the anomalous transport coef-
ficient of DOPC. With no obstacles the diffusion coefficient 
was measured as 4.15 μm2/s. Increasing of the area fraction 
of the obstacles reduced both the transport coefficient and 
the anomalous diffusion exponent. The authors presented 
experimental data in the form of time dependences of the 
mean square displacements measured for several different 
area fractions of obstacles.
By using values of the mean square displacements 
measured for ordinary diffusion at limiting experimental 
times of 0.035 and 0.14 s, the value of the mean free path 
λ = 0.0559 μm was calculated by use of Eq. (30). Then 
one Brownian step time τ = 3.77 × 10−4 s was computed 
by use of Eq. (17).
The mean velocity of the molecule in two dimensions, 
appearing in Eq. (26), is expressed by D, Γ and α. To 
achieve this we combine Eqs. (17, 21, 28) to obtain:
Equation (26) with v0 given by Eq. (31), is fitted by 
experimental results for mean square displacement for 
times 0.035, 0.07, 0.105, and 0.14 s, normalized by 
4Γ tα using originally calculated (Skaug et al. 2011) data 
of α = 0.86, Γ = 1.55; α = 0.77, Γ = 0.78; α = 0.56, 
Γ = 0.16. This is represented by open symbols in Fig. 3. 
The corresponding filled symbols are drawn for best fit 
data obtained by use of Eq. (21) with the determined value 
of τ = 3.77× 10−4 s. They are α = 0.871, Γ = 1.64; 
α = 0.780, Γ = 0.854; α = 0.573, and Γ = 0.193.
Although the original values are only slightly lower than 
those calculated by use of the proposed method, quite dif-
ferent location of points represented by open symbols and 
filled symbols may be observed in Fig. 3. The filled sym-
bols are much closer to the model line, this is a result of 
a more precise determination of transport variables by 
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Γ = 1.54; α = 0.773, Γ = 0.812; α = 0.582, and Γ = 0.206, 
can be obtained by using only the mean square displace-
ment for the shortest time, 0.035 s. The corresponding val-
ues of the normalized mean square displacement 〈r2〉/4Γtα 
are 0.803, 0.752, and 0.608, which means that the proposed 
method enables effective analysis of short-term experimen-
tal data.
The calculated values of the mean velocity of the mol-
ecule in two dimensions are all 148 μm/s, which cor-
responds to λ = 0.0559 μm and one Brownian step time 
τ = 3.77 × 10−4 s, both computed previously from data 
measured for ordinary diffusion. The values of the mean 
velocity computed by use of Eq. (31) using originally cal-
culated (Skaug et al. 2011) data of α = 0.86, Γ = 1.55; 
α = 0.77, Γ = 0.78; α = 0.56, Γ = 0.16 are 137, 154, and 
165 μm/s, i.e. almost the same.
The values of transport variables determined by use of 
the proposed method are obtained by use of Eq. (21). The 
results are depicted in Fig. 4, which shows all pairs of 
transport variables α and Γ reported by Skaug et al. (2011). 
Agreement of reported results with the model line is good.
Complete results for super-diffusion in biological sys-
tems are not available in the literature. To demonstrate 
the reliability and potential usefulness of the proposed 
model for a wider range of anomalous diffusion exponents, 
results obtained by Li et al. (2006) for one-dimensional 
sub and super-diffusive molecular displacements in disor-
dered porous media were used. Hydrodynamic dispersion 
of water flowing through porous glass with nominal pore 
sizes in the range 100–160 μm was analyzed. The charac-
ter of the anomalous diffusion behavior depended on the 
flow velocity through the porous medium. Crossover was 
observed from sub-diffusive mean square displacement, 
α = 0.84, in the absence of hydrodynamic flow, to a super-
diffusive, almost ballistic power law, α = 1.95, at the high-
est flow rates.
Let us write Eq. (18) for two different mean square dis-
placements of the molecule position measured at the same 
time for anomalous and normal diffusion. The molecule 
mean free path for the two cases remains unchanged, so 
dividing the formulae one obtains, after rearrangement:
where the displacements in two dimensions are replaced by 
that in one dimension. From the experimental plot reported 
by Li et al. (2006) giving the time dependence of the mean 
square displacement, it is possible to show that the mean 
square displacement ratio is 8.5 for α = 1.95 and α = 1 and 
time equal to 0.3 s. The calculated Brownian step time is 
τ = 1.58 × 10−2 s.
The values of the transport coefficient normalized by the 
diffusion coefficient were then calculated from the plot for 




























































Fig. 3  Graphical representation of Eq. (26) with v0 given by Eq. (31), 
fitted by experimental results of mean square displacement normal-
ized by use of the originally calculated data for DOPC transport in 
supported lipid bilayers (Skaug et al. 2011): open circles, α = 0.86, 
Γ = 1.55; open squares, α = 0.77, Γ = 0.78; open inverse triangles, 
α = 0.56, Γ = 0.16. The corresponding filled symbols are drawn for 
best fit data obtained by use of Eq. (21): filled circles, α = 0.871, 
Γ = 1.64; filled squares, α = 0.780, Γ = 0.854; filled inverse trian-











Fig. 4  Normalized transport coefficient of DOPC in supported lipid 
bilayers (Skaug et al. 2011) as a function of the anomalous diffusion 
exponent calculated by use of Eq. (21) and using Eqs. (28) and (30) 
to determine the one step time τ (solid line), fitted with originally 
calculated values of α and Γ (open squares) and those chosen to fit 
Eq. (26) (open circles)
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The values determined are 0.58 s0.16 for α = 0.84 and 
27 s−0.95 for α = 1.95, whereas the diffusion coefficient 
calculated from Eq. (34), D = 2.0 × 10−9 m2/s, is only 
slightly lower than the molecular diffusivity of bulk water 
(2.3 × 10−9 m2/s).
To obtain a universal coordinate system for anomalous 
diffusion variables, in which the variables could be com-
pared for different characteristic times, Eq. (21) is rear-
ranged to give:
The resulting Fig. 5 presents all the experimental values 
originally calculated (Skaug et al. 2011) and deduced from 
reported data (Li et al. 2006), covering both the sub-diffu-
sion and super-diffusion ranges.
All the calculations discussed in this paper confirm the 
accuracy of original estimate and provide an effective frac-
tal model for the trajectory of particles or molecules dif-
fusing anomalously. The model takes into account ballis-
tic motion, which is essential at the very beginning of the 
motion, and the time evolution of the trajectory character. 
The model increases the precision of the transport variables 
obtained for anomalous diffusion.
Discussion and conclusions
This fractal model of Brownian particle motion makes it 
possible to describe the trajectory of a molecule diffusing 
anomalously if the asymptotic fractal dimension of the tra-
jectory is regarded as an adjustable variable. Except for the 
power dependence valid for long-term diffusion, the model 




· τα−1 = 21−α
to sub or super-diffusive motion. The formula obtained 
(Eq. 26) makes it possible to derive the values of the trans-
port coefficient and the anomalous diffusion exponent from 
experimental data even if the data are measured in the short 
term, when the power dependence (Eq. 1) is still not fully 
applicable.
The data describing anomalous diffusion are connected 
with those describing normal diffusion. The transport coef-
ficient normalized by the diffusion constant is the double 
Brownian step time to the power of one minus the anom-
alous diffusion exponent (Eq. 21). This is a functional 
dependence enabling more precise derivation of the anoma-
lous diffusion variables from experimental data.
The originally obtained anomalous diffusion variables, 
both the transport coefficient and the anomalous diffusion 
exponent, are slightly lower than those calculated by use 
of the proposed method. This is because of the time period 
over which the experimental data were measured, too short 
to safely use the power dependence (Eq. 1). Small differ-
ences in the anomalous diffusion variables result, however, 
in quite different location of points in Fig. 3. More precise 
determination of the transport variables leads to reduction 
of the mutual distance. The points calculated by use of 
Eq. (21) are much closer to the model line.
The proposed method is applicable to data obtained in 
short time periods. Transport variables calculated solely by 
use of experimental data for mean square displacement in 
the shortest times are in good agreement with those deter-
mined for longer time periods.
As already mentioned, and confirmed experimentally, 
the model presented in this paper is not restricted to sub-
diffusion. It describes super-diffusive trajectories up to bal-
listic trajectories for which α = 2. The corresponding form 
of Eq. (20) is:
Hence Eq. (19) becomes:
which one would expect for ballistic motion. The root 
mean square displacement is the mean free path multiplied 
by the number of steps.
Statistical models and methods lead to similar power-
law characteristics for anomalous diffusion, for example 
continuous time random walks (Tejedor and Metzler 2010; 
Neusius et al. 2009), fractional Langevin Brownian motion 
(Jeon and Metzler 2010), and mixed models with different 
trapping (Miyaguchi and Akimoto 2015). Recent models 
combined Bayesian inference (Monnier et al. 2012) with 
the over-damped Langevin equation in which spatially 












= v0t =  · t/τ
α













Fig. 5  Graphical representation of Eq. (36) (solid line) fitted with the 
originally calculated values of α and Γ for DOPC transport in sup-
ported lipid bilayers (Skaug et al. 2011; τ = 3.77 × 10−4 s; open 
squares) and the values deduced from reported data (Li et al. 2006) 
for displacement of water molecules in disordered porous glass 
(τ = 1.58 × 10−2 s; open circles)
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plasma membrane on the full cell scale. In that way varia-
bles for different scales (Masson et al. 2014) were obtained.
Models describing the ballistic-sub-diffusive transi-
tion are of special interest for experimenters interested in 
single-particle-tracking. Jeon and Metzler (2010) presented 
an exact solution to the fractional Langevin equation in the 
form of the time dependence of mean-squared displace-
ment, and  showed a transition from short-term ballistic 
motion to long-term anomalous diffusion. In this solution 
the generalized Mittag–Leffler function is used. The func-
tion obtained is depicted in a plot. The observed transition 
from the ballistic to sub-diffusion region is rather narrow 
and spans no more than one order of magnitude of time. 
The time average mean-square displacement for fractional 
Brownian–Langevin motion presented by Deng and Barkai 
(2009) has a similar property.
The equation proposed in this paper, and the form 
which is simpler to use, has a wider transition which spans 
approximately three orders of magnitude of time for ordi-
nary diffusion of Brownian particles (Gmachowski 2013, 
2014; Pusey 2011). This wide transition has been con-
firmed by use of the experimental data analyzed in this 
work. The wideness of the transition and, hence, the shape 
of the time dependence of the mean square displacement 
of the molecule, is of fundamental importance, because the 
experimental trajectories are in the range of the transition.
Analysis of experimental data shows that the fractal model 
of molecule trajectories is sufficient to describe anomalous dif-
fusion phenomena. The model trajectory consists of equal seg-
ments which can be either contracted or stretched, modeling 
sub-diffusive or super-diffusive phenomena. Therefore, it can 
be regarded as a new approach to anomalous diffusion which 
is a simple alternative to current models with distributions of 
step lengths. The transition of the character of the motion from 
ballistic to anomalous diffusion is described by the time evolu-
tion of the trajectory fractal dimension. This can be regarded 
as a new aspect of the modeling of anomalous diffusion which 
results in the wider transition observed experimentally.
A universal coordinate system has been derived for 
anomalous diffusion in which the anomalous diffusion vari-
ables can be compared for different characteristic times in 
the full range of the anomalous diffusion exponent. This 
can be helpful for interpretation of experimental data, espe-
cially those obtained for short periods of time. This also 
enables estimation of the transport coefficient for systems 
for which the diffusion behavior has been investigated.
Open Access This article is distributed under the terms of the 
Creative Commons Attribution 4.0 International License (http://crea-
tivecommons.org/licenses/by/4.0/), which permits unrestricted use, 
distribution, and reproduction in any medium, provided you give 
appropriate credit to the original author(s) and the source, provide a 
link to the Creative Commons license, and indicate if changes were 
made.
References
Ben-Avraham D, Havlin S (2000) Diffusion and reactions in fractals 
and disordered systems. Cambridge University Press, Cambridge
Bujan-Nunˇez MC (1998) Scaling behavior of Brownian motion 
interacting with an external field. Mol Phys 94:361–371. 
doi:10.1080/002689798168240
Burada PS, Hänggi P, Marchesoni F, Schmid G, Talkner P (2009) 
Diffusion in confined geometries. ChemPhysChem 10:45–54. 
doi:10.1002/cphc.200800526
Burioni R, Gradenigo G, Sarracino A, Vezzani A, Vulpiani A (2014) 
Scaling properties of field-induced superdiffusion in continu-
ous time random walks. Commun Theor Phys 62:514–520. 
doi:10.1088/0253-6102/62/4/09
Caspi A, Granek R, Elbaum M (2002) Diffusion and directed motion 
in cellular transport. Phys Rev E 66:011916. doi:10.1103/
PhysRevE.66.011916
Chan Y-HM, Boxer SG (2007) Model membrane systems and their 
applications. Curr Opin Chem Biol 11:581–587. doi:10.1016/j.
cbpa.2007.09.020
Cherstvy AG, Chechkin AV, Metzler R (2013) Anomalous diffusion 
and ergodicity breaking in heterogeneous diffusion processes. 
New J Phys 15:083039. doi:10.1088/1367-2630/15/8/083039
Condamin S, Tejedor V, Voituriez R, Bénichou O, Klafter J (2008) 
Probing microscopic origins of confined subdiffusion by first-
passage observables. Proc Natl Acad Sci USA 105:5675–5680. 
doi:10.1073/pnas.0712158105
Deng W, Barkai E (2009) Ergodic properties of fractional Brown-
ian–Langevin motion. Phys Rev E 79:011112. doi:10.1103/
PhysRevE.79.011112
Dietrich C, Yang B, Fujiwara T, Kusumi A, Jacobson K (2002) Rela-
tionship of lipid rafts to transient confinement zones detected 
by single particle tracking. Biophys J 82:274–284. doi:10.1016/
S0006-3495(02)75393-9
Gmachowski L (2013) Fractal model of the transition from ballistic to 
diffusive motion of a Brownian particle. J Aerosol Sci 57:194–
198. doi:10.1016/j.jaerosci.2012.11.006
Gmachowski L (2014) Confined mobility in biomembranes mod-
eled by early stage Brownian motion. Math Biosci 254:1–5. 
doi:10.1016/j.mbs.2014.05.002
Goychuk I, Kharchenko VO, Metzler R (2014) How molecular motors 
work in the crowded environment of living cells: coexistence 
and efficiency of normal and anomalous transport. PLoS ONE 
9:e91700. doi:10.1371/journal.pone.0091700
Jeon J-H, Metzler R (2010) Fractional Brownian motion and motion 
governed by the fractional Langevin equation in confined geom-
etries. Phys Rev E 81:021103. doi:10.1103/PhysRevE.81.021103
Kneller GR (2011) Generalized Kubo relations and conditions for anom-
alous diffusion: physical insights from a mathematical theorem. J 
Chem Phys 134:224106-1–224106-7. doi:10.1063/1.3598483
Li Y, Farrher G, Kimmich R (2006) Sub- and superdiffusive molecu-
lar displacement laws in disordered porous media probed by 
nuclear magnetic resonance. Phys Rev E 74:066309-1–066309-
7. doi:10.1103/PhysRevE.74.066309
Masson J-B, Dionne P, Salvatico C, Renner M, Specht CG, Triller A, 
Dahan M (2014) Mapping the energy and diffusion landscapes 
of membrane proteins at the cell surface using high-density sin-
gle-molecule imaging and Bayesian inference: application to the 
multiscale dynamics of glycine receptors in the neuronal mem-
brane. Biophys J 106:74–83. doi:10.1016/j.bpj.2013.10.027
Matsuura S, Tsurumi S, Imai N (1986) Crossover behavior for Brown-
ian motion. J Chem Phys 84:539–540. doi:10.1063/1.450126
Miyaguchi T, Akimoto T (2015) Anomalous diffusion in a quenched-
trap model on fractal lattices. Phys Rev E 91:010102(R). 
doi:10.1103/PhysRevE.91.010102
621Eur Biophys J (2015) 44:613–621 
1 3
Monnier N, Guo S-M, Mori M, He J, Lénárt P, Bathe M (2012) Bayes-
ian approach to MSD-based analysis of particle motion in live 
cells. Biophys J 103:616–626. doi:10.1016/j.bpj.2012.06.029
Neusius T, Sokolov IM, Smith JC (2009) Subdiffusion in time-
averaged, confined random walks. Phys Rev E 80:011109. 
doi:10.1103/PhysRevE.80.011109
Nicolau DV Jr, Hancock JF, Burrage K (2007) Sources of anomalous 
diffusion on cell membranes: a Monte Carlo study. Biophys J 
92:1975–1987. doi:10.1529/biophysj.105.076869
Pusey PN (2011) Brownian motion goes ballistic. Science 332:802–
803. doi:10.1126/science.1192222
Rapaport DC (1984) Fractal dimensionality of Brownian motion. 
Phys Rev Lett 53:1965. doi:10.1103/PhysRevLett.53.1965
Rapaport DC (1985) The fractal nature of molecular trajectories in 
fluids. J Stat Phys 40:751–758. doi:10.1007/BF01009898
Ritchie K, Iino R, Fujiwara T, Murase K, Kusumi A (2003) The fence 
and picket structure of the plasma membrane of live cells as 
revealed by single molecule techniques (Review). Mol Membr 
Biol 20:13–18. doi:10.1080/0968768021000055698
Santamaria F, Wils S, De Schutter E, Augustine GJ (2006) Anomalous 
diffusion in Purkinje cell dendrites caused by spines. Neuron 
52:635–648. doi:10.1016/j.neuron.2006.10.025
Saxton MJ (2007) A biological interpretation of transient anomalous 
subdiffusion. I. Qualitative model. Biophys J 92:1178–1191. 
doi:10.1529/biophysj.106.092619
Saxton MJ, Jacobson K (1997) Single-particle tracking: applica-
tions to membrane dynamics. Annu Rev Biophys Biomol Struct 
26:373–399. doi:10.1146/annurev.biophys.26.1.373
Skaug MJ, Faller R, Longo ML (2011) Correlating anomalous diffu-
sion with lipid bilayer membrane structure using single molecule 
tracking and atomic force microscopy. J Chem Phys 134:215101-
1–215101-7. doi:10.1063/1.3596377
Stauffer D, Schulze C, Heermann DW (2007) Superdiffusion in a 
model for diffusion in a molecularly crowded environment. J 
Biol Phys 33:305–312. doi:10.1007/s10867-008-9075-2
Székely T Jr, Burrage K (2014) Stochastic simulation in systems 
biology. Comput Struct Biotechnol J 12:14–25. doi:10.1016/j.
csbj.2014.10.003
Takayasu H (1982) Differential fractal dimension of random walk and 
its applications to physical systems. J Phys Soc Japan 51:3057–
3064. doi:10.1143/JPSJ.51.3057
Takayasu H (1990) Fractals in the physical sciences. Manchester Uni-
versity Press, Manchester
Tejedor V, Metzler R (2010) Anomalous diffusion in corre-
lated continuous time random walks. J Phys A 43:082002. 
doi:10.1088/1751-8113/43/8/082002
Viswanathan GM, Raposo EP, da Luz MGE (2008) Lévy flights 
and super diffusion in the context of biological encounters and 
random searches. Phys Life Rev 5:133–150. doi:10.1016/j.
plrev.2008.03.002
Weiss M, Elsner M, Kartberg F, Nilsson T (2004) Anomalous subdif-
fusion is a measure for cytoplasmic crowding in living cells. Bio-
phys J 87:3518–3524. doi:10.1529/biophysj.104.044263
Wieser S, Schütz GJ, Cooper ME, Stockinger H (2007) Single mol-
ecule diffusion analysis on cellular nanotubules: implications 
on plasma membrane structure below the diffraction limit. Appl 
Phys Lett 91:233901. doi:10.1063/1.2822890
Wu X-L, Libchaber A (2000) Particle diffusion in a quasi-two-dimen-
sional bacterial bath. Phys Rev Lett 84:3017–3020. doi:10.1103/
PhysRevLett.84.3017
